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Resources for biodiversity conservation are severely limited, requiring strategic investment. Understanding both the
economic benefits and costs of conserving ecosystems will help to allocate scarce dollars most efficiently. However,
although cost-benefit analyses are common in many areas of policy, they are not typically used in conservation
planning. We conducted a spatial evaluation of the costs and benefits of conservation for a landscape in the Atlantic
forests of Paraguay. We considered five ecosystem services (i.e., sustainable bushmeat harvest, sustainable timber
harvest, bioprospecting for pharmaceutical products, existence value, and carbon storage in aboveground biomass)
and compared them to estimates of the opportunity costs of conservation. We found a high degree of spatial
variability in both costs and benefits over this relatively small (;3,000 km2) landscape. Benefits exceeded costs in
some areas, with carbon storage dominating the ecosystem service values and swamping opportunity costs. Other
benefits associated with conservation were more modest and exceeded costs only in protected areas and indigenous
reserves. We used this cost-benefit information to show that one potential corridor between two large forest patches
had net benefits that were three times greater than two otherwise similar alternatives. Spatial cost-benefit analysis can
powerfully inform conservation planning, even though the availability of relevant data may be limited, as was the case
in our study area. It can help us understand the synergies between biodiversity conservation and economic
development when the two are indeed aligned and to clearly understand the trade-offs when they are not.
Citation: Naidoo R, Ricketts TH (2006) Mapping the economic costs and benefits of conservation. PLoS Biol 4(11): e360. DOI: 10.1371/journal.pbio.0040360
Introduction
Investments in biodiversity conservation must be strategi-
cally allocated, because resources are severely limited [1]. As a
result, approaches for designing conservation plans that
systematically represent a region’s biodiversity have prolif-
erated and become ever more sophisticated [2,3]. Although
the biological aspects of these approaches have advanced
rapidly, relatively little attention has been paid to the
economic side of conservation planning (i.e., the science of
systematically prioritizing conservation interventions), even
though planning invariably involves both costs and beneﬁts.
Understanding costs— including land prices, management
costs, and opportunity costs (i.e., foregone alternatives)—will
help us to allocate scarce dollars most efﬁciently [4]. And
understanding beneﬁts—‘‘ecosystem services’’ such as ﬂood
control from wetlands and carbon sequestration from
forests—will help us to estimate the economic value of lands
identiﬁed for conservation and to identify who may be willing
to pay for these services [5].
Cost-beneﬁt analyses, where the economic costs and
beneﬁts of a proposed policy or project are tallied and used
to inform decision making, are widely used in a variety of issue
areas, including the health, safety, transport, and develop-
ment sectors [6]. These analyses can indicate whether the
aggregate beneﬁts of a policy decision outweigh the aggregate
costs, and they can help quantify the resulting economic gains
and losses among groups. Such information can be crucial in
making efﬁcient decisions about how to best allocate scarce
resources in pursuit of various policy objectives [6].
Conservation biologists have been slow to incorporate
these cost-beneﬁt approaches into their work [7,8], but some
recent studies demonstrate the potential power of economics
to inform conservation decisions. On the costs side, econo-
mists have shown that conservation plans that incorporate
costs can represent equal or greater levels of biodiversity with
dramatically fewer resources than plans that do not consider
costs [9–12]. Global-scale analyses have illustrated that the
costs needed to establish and manage protected areas vary
enormously among countries [13]. Recent calls for more work
on the costs of conservation indicate that these ﬁndings are
slowly penetrating the planning literature [4,14]. On the
beneﬁts side, there has been an increased awareness of the
economic value of ecosystem services provided by natural
systems [5,15]. Quantifying these values, however, remains
complex and has become a major area of research in both
environmental and ecological economics [16,17]. New tech-
niques have led to a much greater ability to quantify
economic values associated with natural ecosystems in a wide
variety of contexts [18,19]. Paralleling this research on
valuation has been an increased interest in developing
mechanisms that compensate landowners for the ecosystem
services their lands provide [20,21].
Despite these advances, explicit analyses of economic costs
and beneﬁts have yet to become widely incorporated into
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conservation planning exercises. In part, this is because
conservation planning is inherently spatial and thus presents
special challenges for the quantiﬁcation of both costs and
beneﬁts. For costs, spatially explicit data on land prices at the
necessary resolution are lacking for many parts of the world,
in which case they must be modeled [22,23]. For beneﬁts, the
biophysical delivery of ecosystem goods and services must ﬁrst
be spatially quantiﬁed, a difﬁcult task in itself [24,25], and then
these ecosystem services must be assigned an economic value
in a spatially explicit manner. This requires knowledge of who
the beneﬁciaries are, where they reside, how they perceive the
value provided by an individual ecosystem service, and how
the spatial pattern and scale of an ecosystem service affects the
resulting economic values at the scale of interest [26].
In spite of the numerous challenges, cost-beneﬁt analysis
could provide novel insights into conservation planning. First,
it would allow the spatial distribution of beneﬁts and costs to
be compared to the distribution of biodiversity, allowing us to
locate areas of value for both biodiversity and people (‘‘win-
win’’ areas for conservation), and also allowing us to identify
areas of conﬂict or tradeoff, where net economic beneﬁts of
ecosystem conservation are low but biodiversity values are
high (and vice versa). Second, a spatial cost-beneﬁt analysis
would highlight which areas have the greatest beneﬁts per unit
cost, thus allowing the most efﬁcient targeting of efforts
towards conservation. Third, maps of ecosystem services
would help identify suppliers and consumers of ecosystem
services, allowing the identiﬁcation of efﬁcient and equitable
payment mechanisms to fund conservation projects [21].
Finally, an improved understanding of the spatial distribution
of the beneﬁts of ecosystem conservation, relative to costs,
would indicate in which areas conservation makes economic
sense, providing an economic case for conservation to bolster
moral and aesthetic arguments [27,28]
Here we report on a cost-beneﬁt analysis that incorporates
spatially-explicit valuations of ecosystem goods and services
along with opportunity costs of conservation. We selected ﬁve
ecosystem services and quantiﬁed their economic values across
a landscape in eastern Paraguay. The beneﬁciaries of these
ecosystem services range from local individuals to citizens of
countries far away from the study site, and therefore our
perspective is social; we are estimating thebeneﬁts of ecosystem
services to society as a whole, although we are careful to
maintain separate estimates for each class of beneﬁciaries in
discussions and policy implications. We compared the ecosys-
tem service values to the cost of conserving the natural habitat
that underlies their provision [29] and asked which areas would
pass a cost-beneﬁt test. We also compared three corridor
options within the landscape and asked how a consideration of
both the costs and beneﬁts can inform decisions on which to
pursue as a conservation objective.
Because we are unaware of previous studies that have
estimated the economic costs and beneﬁts of conservation in
a spatially explicit manner, we emphasize the preliminary
nature of this study and highlight the associated assumptions,
pitfalls, and challenges. In particular, we note that this study
is based on a utilitarian view of conservation, where beneﬁts
and costs are assessed in purely economic terms. We do not
consider here deeper issues of ‘‘value,’’ such as the intrinsic
value of nature and ethical issues associated with conserva-
tion. These values, while impossible to quantify in economic
terms, are clearly fundamental to conservation of the natural
world. The analyses presented here are meant to comple-
ment, not replace, more profound considerations of the value
of biodiversity.
Materials and Methods
Study Site: Mbaracayu Biosphere Reserve, Eastern
Paraguay
The Mbaracayu Forest Biosphere Reserve in eastern Para-
guay is within the highly threatened Upper Parana Atlantic
Forest ecoregion (Figure 1). In 1973, this reserve (which
follows the boundaries of the Upper Jejui watershed, an area
of 2,920 km2) was 90% forested. In 2004, the area of forest in
the watershed had been reduced to 56% and, with the
exception of a central core protected area and several forests
on adjacent private lands, was becoming highly fragmented.
As of 2004, there were three dominant anthropogenic land
uses in the region: smallholder agriculture (12% of land
surface), large-scale cattle ranching (14%), and soybean
production (2.4%). Residents of the region include the Ache,
an indigenous group who have lived in the forests of the
region for at least the past several hundred years and possibly
much longer [30]. Although all Ache groups have been settled
onto reserves, many still continue to use the forest for
traditional hunting and gathering purposes, including within
the core protected area, where this is legally permitted.
Indigenous Guarani tribes also live in several settlements in
the region. Campesinos (smallholder farmers) live in govern-
ment sponsored colonias and practice small-scale farming of
both cash and subsistence crops. Large landowners, including
many Brazilian nationals, own huge tracts of land (thousands
of hectares) for both cattle ranching and soybean production.
Estimating Costs
In a previous study, the opportunity costs of conservation
associated with the dominant anthropogenic land uses were
Figure 1. The Mbaracayu Biosphere Reserve and its Location in Eastern
Paraguay
The outer line delineates the border of the Reserve, and the roughly
rectangular core protected area is outlined within it. Areas in white are
nonforest areas (mostly agricultural) and were not considered. Areas in
shades of gray to black are forested; darker shades represent areas with
higher opportunity costs, which are net present values in US$ per
hectare (adapted from [29]).
DOI: 10.1371/journal.pbio.0040360.g001
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modeled for the Mbaracayu Forest Biosphere Reserve [29].
Opportunity costs of conservation were deﬁned as the
expected agricultural value of each forested parcel of land,
because this was an estimate of the best alternative economic
use of the land. Opportunity costs were calculated as the
probability that a given parcel would be converted from
forest to an agricultural land use, multiplied by the expected
net beneﬁts from that land-use type, and then summed over
all land uses. Conversion probabilities were estimated based
on past patterns of forest conversion to known agricultural
land uses, and the net economic beneﬁts of the various types
of land uses were derived from regional estimates. This
resulted in spatially explicit estimates of opportunity costs of
conservation for each hectare of forest in the Biosphere
Reserve.
To check the accuracy of these estimates, per-hectare
opportunity costs were compared to actual property values
for a sample of 20 properties within the Biosphere Reserve. A
strong correlation between predicted land values and actual
property prices was demonstrated [29]. In particular, pre-
dictions using discount rates of between 15 and 25% were
unbiased estimators of actual property values. We therefore
used this cost layer as a baseline against which to compare the
value of ecosystem services, with a discount rate of 20%
applied uniformly throughout the landscape.
Because the opportunity cost layer was developed in part
using information on past conversion rates, the core
protected area of the Biosphere Reserve has zero opportunity
costs of conservation, because there has been no detectable
deforestation in the area over the past 15 years. This
illustrates a weakness of the methodology: it is based on
deforestation rates and patterns observed in the past. If the
conditions under which this pattern occurred were to change
(e.g., a change in zoning that removes the core area’s
protected status), the estimated opportunity costs layer would
not reﬂect this change and would need to be recalculated. We
did not consider other potentially important measures of
conservation cost (e.g., management costs), because we had no
way to estimate these across the landscape.
Estimating Benefits
The basis for our assessment of ecosystem service values
was a forest cover map of the biosphere reserve. We used
Landsat imagery and ground data from a separate project
[31] to map forest cover types (methods are described in [23]).
The ﬁnal map recognizes six forest types, which were derived
from agglomerations of Ache vegetation classiﬁcations: high
forest, low forest, big bamboo forest, bamboo understory
forest, vine undergrowth forest, and swamp [23].
Using this forest map, we assessed ﬁve different ecosystem
services: sustainable consumption of bushmeat, sustainable
timber harvest, bio-prospecting (value for new pharmaceut-
ical products), existence value, and carbon storage. For each
of these services, we describe below the beneﬁciaries, the
methods used to map out associated economic values, and the
assumptions we made. For some services, site-speciﬁc
valuation information did not exist; in these instances, we
took a beneﬁts transfer approach to estimating values. A
discussion of beneﬁts transfer (i.e., the transfer of economic
value estimates derived at one geographical location to a
different location) is outside the scope of this paper; however,
we note that the development and reliability of such methods
is greatly debated in the environmental economics literature
[32–34].
Bushmeat
Hunting for wild meat is the most important economic
activity of the Ache [35] and is also practiced by campesinos
and large landowners. To map out the economic value of
bushmeat, we integrated biological information on important
game species [31], forest type classes of the Biosphere
Reserve, and prices of domesticated meat in the region’s
primary market town (Villa Ygatimi). Habitat associations of
game species were modeled using logistic regression equa-
tions modiﬁed from [31]. Maps of predicted probability of
occurrence were constrained by minimum forest areas
required for estimated home ranges of the various species,
such that probability of occurrence was set to zero for forest
fragments below a species-speciﬁc minimum threshold. For
each species, we multiplied this constrained expected
probability of occurrence by the average body size for an
individual, then by the size of the group that individuals of a
species are typically found in, and then by the species-speciﬁc
fraction of biomass that can be sustainably harvested (Table
1). Summed over all species, this resulted in the expected
number of kilograms of bushmeat a forested cell could
Table 1. Game Species Considered in the Analysis of Bushmeat Economic Values in the Mbaracayu Forest Biosphere Reserve, Paraguay
Species Common Name Body Weight (kg) Group Size Minimum Area (ha) Sustainable Fraction
Agouti paca Paca 6.7 1.05 20 0.19
Cebus apella Brown capuchin 2.3 18 40 [84] 0.03
Dasyprocta azarae Agouti 2.7 1 4 [85] 0.11 [86]
Dasypus novemcintus Nine-banded armadillo 3.8 1.05 4 0.4
Mazama americana Red brocket-deer 25.8 1 33 0.2
Nasua nasua Coatimundi 3.5 8 40 [87,88] 0.04 [89]
Penelope superciliaris Rusty-margined guan 0.79 1.05 15 0.09
Tapirus terrestris Tapir 177 1 125 0.12
Tayassu pecari White-lipped peccary 24.9 80 1,871 [90] 0.26
Tayassu tajacu Collared peccary 16.3 4 123 [90] 0.5
Tupinambis merianae Teju 2.3 1 30 0.2a
Parameters calculated from [31] unless otherwise indicated.
aNo information in the literature could be found, therefore we used the mean value over all game species.
DOI: 10.1371/journal.pbio.0040360.t001
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provide. This analysis is highly simpliﬁed and does not
include complexities such as species population dynamics,
hunter behavior, and household demand that more sophis-
ticated studies account for [36].
Because bushmeat is not traded by either the Ache or by
campesinos, we assumed that in the absence of meat from
wild animals, individuals would have to substitute domestic
meat to meet their protein requirements. We therefore
multiplied the local market price of a kilogram of beef
(US$1.44 as of May 2005) by the expected kilograms of
bushmeat that a forested cell provides, and considered this
the economic value of the potential sustainable ﬂow of
bushmeat that is expected from each hectare of forest in the
region.
We assume here that hunters actually do harvest bushmeat
at the levels and spatial patterns that our analysis maps out.
However, we have not compared this predicted pattern of
offtake from what actually occurs. Hunting by the Ache in the
Mbaracayu Forest Reserve is substantially lower than the
theoretical maximum sustainable offtake, but speculation is
that poaching by campesinos is nonetheless resulting in the
depletion of certain species [31]. For the rest of the forests in
the Biosphere Reserve, we have no data on hunting rates, but
anecdotal evidence suggests that the larger game species such
as tapirs and peccaries are much less common than in the
core protected area, likely due to a combination of forest
fragmentation and heavy hunting pressure. Therefore, our
estimates of the economic value of bushmeat are likely
overestimates for at least some areas and should be cautiously
regarded as the value of a potential ﬂow of bushmeat from
the region’s forests under a sustainable management system.
Timber Harvest
Local residents, especially large landowners with access to
machinery and labor, harvest a variety of high-value timber
species in forests of the Biosphere Reserve (Villa Ygatimi, the
biggest town in the watershed, has several sawmills in
operation). What we assessed is the potential sustainable ﬂow
of a limited timber harvest from forests of the region, similar
to the analysis of bushmeat. We assume that such a harvest
would not change the structure of the forest such that the
provision of other ecosystem services we considered would be
affected.
To estimate the economic value from sustainable timber
harvests, we used data from research that calculated the value
of standing merchantable timber from various species in the
Biosphere Reserve [37]. This is the value to the landowner of a
standing tree of an economically valuable species and does
not include the value added through harvesting and sales to
the mill. Using information on 16 tree species, we calculated
an average per-tree value of US$6.87. We were unaware of
any studies that had assessed the sustainability of reduced-
impact logging schemes in the Mbaracayu area, therefore we
used guidelines from lowland Bolivian forests and assumed a
sustainable harvest rate of four trees per hectare with a 30-
year harvest cycle [38]. We assigned a timber value of zero to
the core protected area, because harvesting is not permitted
there. Elsewhere, we assumed all forest types were equally
valuable for logging, with the exception of big bamboo and
low forests types, which we assumed did not contain any
valuable timber species.
Bioprospecting
The value of natural habitats (especially tropical forests) as
providers of potential new medicines that may beneﬁt
humanity has long been proposed as a compelling reason
for conservation [39]. A number of studies have attempted to
quantify the value of tropical forests as potential storehouses
of undiscovered pharmaceutical products or precursors [40–
42] and some of these have suggested very high potential
values [43].
We used data from a study that assessed the willingness to
pay (WTP) of pharmaceutical companies for the potential of
tropical forests to contain precursors to new marketable
drugs [40]. These researchers estimated the value of the
marginal species; i.e., the value that each additional species
contributed to the willingness-to-pay of companies, restrict-
ing potential new discoveries to plant species and making
assumptions regarding the costs of screening and research
and development. We followed their procedures but recalcu-
lated the marginal value of a species using a discount rate of
20% (to conform with the discount rate used in the rest of
our calculations), and we then used this to calculate the value
of a marginal hectare of habitat, again following the methods
of [40]. We assumed that all forests in the Biosphere Reserve
have equivalent per-hectare species endemism levels, whereas
it is highly likely that forests in the core protected area are
much more diverse than the unprotected and often degraded
forests found throughout the rest of the region [44].
Existence Value
Not only does the natural world provide tangible goods and
services such as food, ﬁber, and nutrient cycling, but it also
serves as a source of wonder and inspiration for many people
[5,15]. Economists call this existence value, and studies using
sophisticated survey methods have attempted to quantify the
WTP of various groups of people to conserve natural habitats,
even if these provide them with no direct use value [45–47].
To estimate this value for forests in our study area, we used
data from a synthesis of global economic values of forest
ecosystems [48]. This synthesis indicates considerable varia-
bility in estimates of existence value for various forest
regions, which is associated with differences in both method-
ology and attributes of the forests that were valued. We chose
to be conservative and therefore selected a value of US$5/ha
per annum for household WTP for the existence of forests in
the Mbaracayu region, a value based on debt-for-nature swaps
for all tropical forests. We assume that the forests in our
region are representative of tropical forests in general, and
that they would qualify for additionality based on rapid
conversion rates outside protected areas. We discounted
these values into the future and applied them to all forests
outside the core area, because this area is already protected as
a nature reserve.
Carbon Storage
Forests contain large quantities of carbon that may be
released into the atmosphere if they are cleared, resulting in
increased carbon dioxide (CO2) emissions. In theory, there-
fore, standing forests are economically valuable if they are at
risk of conversion, because preventing conversion also
prevents potentially substantial rises in CO2 emissions. We
considered the economic value of forests for the avoided
emissions of carbon that is currently stored in aboveground
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biomass. We used information from replicate 0.04-ha plots to
calculate average height, diameter at breast height (DBH),
and stem density of trees within each forest type (Table 2),
and we then estimated the carbon content by calculating total
tree biomass from allometric equations [49] and multiplying
by 0.5 (the fraction of carbon in biomass; [50]). At the time of
writing, carbon was trading in various markets at prices
ranging from US$1.80 to US$25.50 per tonne CO2 (http://
www.ecosystemmarketplace.com; accessed January 3, 2006).
We used a conservative estimate of US$2.50 per tonne CO2
(this translates to US$9.17 per tonne of carbon) to calculate
the economic value of carbon contained in the standing
biomass of the various forest types of the region. This value of
US$9.17 per tonne carbon is also around the midpoint of the
range of estimates for the social damage value of carbon
emissions [51–53].
A number of assumptions regarding the science and policy
context of carbon emissions are needed for these economic
values to be viable. The science of CO2 emissions and land-
use change is evolving; we avoided dealing with dynamic and/
or contentious issues such as the permanence of carbon in
forests [54] and potential changes in carbon sink functioning
as climate changes [55]. On the policy context front, we made
three signiﬁcant assumptions. First, we assumed that avoided
deforestation, which is not currently part of the Clean
Development Mechanism (CDM) of the Kyoto Protocol, is a
valid means of reducing CO2 emissions. At least some groups
are pushing strongly to include avoided deforestation in any
deal that extends past the current Kyoto Protocol lifespan;
avoided deforestation would then join reforestation and
afforestation as legitimate means to reduce CO2 emissions
[56]. Second, we assumed as a baseline that all forests outside
the core protected area were facing imminent deforestation
without an intervention project that invests in the carbon
content of these forests. This assumption is necessary to
satisfy the ‘‘additionality’’ criterion [57] of the Kyoto
Protocol, and given the high rates of deforestation and
continuing proﬁtability of soybean farming in the area, is
realistic. Third, we assumed the existence of a willing buyer
who would invest in the area’s forests for their carbon value,
and we did not consider the often high transaction costs that
can reduce the viability of small CDM projects [58]. Lastly, we
took a ‘‘social damage’’ accounting standpoint that reﬂects
the damage avoided by society at large from increased CO2
emissions; we therefore assumed a one-time initial payment
for avoided emissions that results in permanent forest
protection. More sophisticated accounting systems that are
tightly linked with CDM rules and regulations [59,60] are not
considered here.
General Assumptions
In addition to assumptions speciﬁc to each ecosystem
service, we made a number of additional simpliﬁcations for
the analysis to be tractable. First we assumed a universal
discount rate of 20% for all service valuations, so as to be
consistent with the discount rate that was used to calculate
the opportunity costs of conservation (see Discussion for
considerations of the implications of this assumption).
Second, when taking a beneﬁts-transfer approach, we used
a combination of marginal and average values for our
calculations of ecosystem service beneﬁts; marginal values
are the more appropriate metric but are usually more
difﬁcult to determine unless site-speciﬁc valuation studies
exist. Third, we assumed that the provision of ecosystem
services was independent within a parcel of forest; e.g., that
the sustainable harvest of bushmeat or timber does not affect
values associated with bioprospecting or carbon storage. The
degree to which interactions affect ecosystem service provi-
sioning and value is an empirical question that we did not
have the data to address. Finally, we were unable to model
spatial interdependencies of ecosystem services among
parcels of land. True spatial modeling (i.e., that explicitly
considers the effect of one parcel or patch on another; see
[61] for spatial modeling of resource exploitation) for
ecosystem service valuation was beyond this analysis because
of limitations in our theoretical understanding of spatial
interdependencies and a lack of relevant empirical data.
Addressing these deﬁciencies in the empirical work is an
important avenue for future research.
Results
Opportunity Costs
Opportunity costs of conservation in the Mbaracayu Forest
Biosphere Reserve were heterogeneous and varied across
almost three orders of magnitude, from US$0 to US$927/ha
[29] (Figure 1). Variation was related to a number of factors,
such as land tenure (protected areas and indigenous reserves
had low opportunity costs due to low conversion rates), slope
(steeper slopes had lower deforestation rates and therefore
lower costs), and soil type. Most of the high value land was
concentrated in the eastern part of the Biosphere Reserve,
Table 2. Information Used to Calculate the Economic Value of Carbon Storage for the Various Forest Types in the Mbaracayu Forest
Biosphere Reserve, Paraguay
Forest Type Plots Stems/ha Height (m) DBH (cm) Biomass (kg/ha) Carbon (t/ha) Value ($/ha)
Vine undergrowth 3 575 9.1 23.9 212,744 106 1,330
Bamboo understory 3 533 9.7 23.5 167,196 84 1,045
High forest 10 520 9.1 21.4 126,018 63 788
Big bamboo 3 483 8.7 20.7 89,787 45 561
Low forest 3 392 9.6 18.2 63,413 32 396
Swamp 0 — — — 50,000a 25 313
aDue to lack of data, we assumed this biomass value based on reduced vegetational complexity as compared to low forest (R. Naidoo, personal observation).
DBH, diameter at breast height.
DOI: 10.1371/journal.pbio.0040360.t002
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Figure 2. Economic Values (Net Present Values in US$ per Hectare) Associated with Forest Ecosystem Services across the Mbaracyau Forest Biosphere
Reserve
(A) Sum of all 5 services. (B) Sustainable bushmeat harvest. (C) Sustainable timber harvest. (D) Bioprospecting. (E) Existence value. (F) Carbon storage.
DOI: 10.1371/journal.pbio.0040360.g002
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because of its high potential for soybean farming, which was
the most proﬁtable land use in the region. When aggregated
to the level of individual properties, modeled costs were
strongly correlated with actual property values, even after
correcting for the effects of property size and forest cover.
These results are discussed in more detail in [29]. Over all
forests (including the core protected area where values are
essentially zero), the average opportunity costs of conserva-
tion were around US$60/ha.
Ecosystem Services
As with costs, the summed per-hectare values of the ﬁve
ecosystem services ranged over three orders of magnitude,
from US$2/ha up to US$1,045/ha (Figure 2A). Bushmeat
varied from US$0/ha to US$18.50/ha (Figure 2B); smaller
blocks of forest were assumed not to contain larger game
species and therefore patch size was the strongest correlate of
per-ha value. For sustainable timber harvest, bioprospecting,
and existence value (Figure 2C–2E), we were able to apply
only a single value to all qualifying forest areas, either because
data on spatial variability were lacking (timber harvest,
bioprospecting), or because values were spatially homoge-
neous at the scale of this landscape (existence value). Carbon
storage varied among forest types (Figure 2F), with vine
undergrowth and bamboo understory forests having the
highest carbon storage values and low forest and swamp
having the lowest values.
On an average per-hectare basis, carbon storage was by far
the most highly valued ecosystem service, with a value of
US$378/ha. The next most valuable service was sustainable
timber harvest (US$27.60/ha), followed by existence value
(US$25/ha), bushmeat harvest (US$15.59/ha), and biopro-
specting (US$2.21/ha). Economic values in the core protected
area were much lower than in other forests, in part because
its protected status disqualiﬁed it from accruing existence
and carbon values, and in part because the activities
permitted within (sustainable bushmeat harvest and, hypo-
thetically, bioprospecting) were very low value.
Conservation Planning
Whether a particular forested area passed a spatial cost-
beneﬁt test for conservation was dependent on how many of
the ﬁve ecosystem services were included (Figure 3). When
considering only ecosystem services that were the most local
or private in nature (i.e., bushmeat, timber, and bioprospect-
ing for pharmaceutical products), only forests in the core
protected area and indigenous reserves had beneﬁts that
exceeded opportunity costs (Figure 3A–3C). After existence
value was added, 19% of forests outside of the core protected
area would pass a cost-beneﬁt test, but most of these still lie in
indigenous reserves (Figure 3D). Finally, when carbon values
were added to the local services, ecosystem service values of
virtually all forests (98%) exceeded the opportunity costs of
conserving them (Figure 3E).
Mapping the ratio of costs and beneﬁts across the
landscape makes clear the degree to which one exceeds the
other for each parcel of land (Figure 4). Using this cost-
beneﬁt information, we considered three potential corridors
for improving connectivity to the core protected area in the
landscape [62] (Figure 4). All corridors had similar total areas
and forested areas (Table 3). We summed the economic values
associated with costs and beneﬁts for all cells in each corridor
and calculated the associated net beneﬁts. When all ﬁve
ecosystem services were considered, beneﬁts of all three
corridors greatly exceeded costs (Table 3). When only services
accruing locally were considered, however, beneﬁts were less
than opportunity costs for all corridors. Of most interest, the
difference between local beneﬁts and costs varied greatly;
corridor 3, the largest in total area and second largest in
forest area, had much lower costs than the other two
corridors and had higher local beneﬁts. Therefore the costs
not offset by the value of local ecosystem services were almost
three times lower for corridor 3 as compared to the other two
corridors (Table 3).
All of these results depend on the accuracy of the
parameter estimates for each service. The sensitivity of the
cost-beneﬁt results to parameter uncertainty appears rela-
tively low, however (Table 4). When considering only local
ecosystem services, a 20% reduction in key parameter values
for each of the three local ecosystem services resulted in only
about a 5% decrease in cells passing a cost-beneﬁt test. When
considering all services, sensitivities were even lower, and
only large drops in the price of carbon would result in
signiﬁcant differences in the results of the spatial cost-beneﬁt
analysis (Table 4).
Discussion
We found that both beneﬁts and costs of conservation
varied enormously across the Mbaracayu Biosphere Reserve.
This spatial information can inform conservation and land
use decisions but is currently lacking in most conservation
planning exercises. We found that economic beneﬁts of
conservation are substantial and, depending on which
services are counted, outweigh costs in certain areas. In these
areas, ﬁnancial mechanisms that capture the economic value
of ecosystem beneﬁts can help ﬁnance conservation, freeing
up resources for investment elsewhere. We also found that
accounting for the costs and beneﬁts of conservation can help
illuminate economic trade-offs for speciﬁc decisions such as
the placement of corridors. These results argue for increasing
research into spatial cost-beneﬁt analyses for conservation, so
that economic information can complement the biodiversity
layers typically used in conservation planning.
The ratio of beneﬁts to costs varied greatly across the
Mbaracayu region (Figure 4). In the core protected area and
indigenous reserves, opportunities for agriculture and other
land uses are severely restricted, so opportunity costs as we
deﬁned them were quite low [29]. As a result, beneﬁts
exceeded costs in these places, even when only the lowest
valued services were considered. In general, however, the
economic beneﬁts of ecosystem services that accrue locally
(bushmeat, timber harvest) were small and offset only a
fraction of the costs of conservation (Figure 3A–3C). This
accords with recent ﬁndings that suggest that nontimber
forest products have very low economic values that cannot
compete with alternative land uses that involve conversion of
natural habitat [63,64].
In contrast, the value of forests for carbon storage, a global
value reﬂected on internationally-traded markets, dominated
the aggregate economic value of ecosystem services and
exceeded everywhere the associated opportunity costs of
conservation. Other studies have pointed out that internal-
izing carbon values through the development of appropriate
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Figure 3. Location of Forested Areas in the Mbaracayu Biosphere Reserve where Economic Benefits Exceed Opportunity Costs (Shown in Black)
Each panel represents calculations considering a different set of benefits. (A) Sustainable bushmeat harvest; (B) bushmeatþ sustainable timber harvest;
(C) bushmeat þ timber þ bioprospecting; (D) bushmeat þ timber þ bioprospecting þ existence value; (E) bushmeat þ timber þ bioprospecting þ
existence valueþ carbon storage.
DOI: 10.1371/journal.pbio.0040360.g003
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ﬁnancial mechanisms can ultimately determine whether or
not conservation is proﬁtable in tropical forests [65,66]. This
was the case in our study, even though we used a price
(US$2.50 per tonne CO2) that was at the low end of the values
that are trading on various markets (i.e., US$1.80 to US$25.50
per tonne CO2). Using a higher price such as the one that is
traded on the European market for carbon (US$25.50; http://
www.ecosystemmarketplace.com; accessed January 3, 2006)
would only have further increased the value of carbon
relative to other services and opportunity costs of conserva-
tion. Alternative deﬁnitions of which areas pass the addition-
ality criterion (i.e., the requirement that forests that are
conserved through a carbon investment would otherwise have
been cut; see Materials and Methods) would not change our
qualitative result that payments for carbon storage services
could preserve a substantial amount of the region’s forests.
The three hypothetical corridors we considered in the
Mbaracayu landscape were similar in size and would achieve
the same goal of connecting two existing large forest reserves.
However, the shortfall in local ecosystem service beneﬁts,
relative to costs, varied greatly and was much lower for
corridor 3, which suggests that investing in corridor 3 would
be the most efﬁcient use of scarce conservation dollars, as
long as biodiversity targets and others features of interest are
similar among corridors. This result illustrates the inefﬁ-
ciency risks of using area as a proxy for cost in conservation
planning [11]. Actual economic cost data, instead of area or
other proxies like human population density [67] or
aggregate measures of human conﬂict [68], can more directly
inform land-use decisions, which almost always include
ﬁnancial considerations. Coupling spatial estimates of cost
with those of economic beneﬁts of ecosystem services will
further inform decisions by indicating what proportion of
expected costs might be offset by payments for environ-
mental services [21]. Although local beneﬁts did not outweigh
costs for any of the three corridors (Figure 4 and Table 3), the
quantiﬁcation of beneﬁts and costs is nevertheless useful
because it indicates the ﬁnancial shortfall that environmental
service payments would not offset.
In our analyses we were only able to consider ﬁve
ecosystem services provided by standing forests. We were
unable to quantify values associated with watershed services
[69], recreation [70], option values [71], or quasi-option values
[72]. Our valuation estimates for ecosystem services are
therefore only a lower bound and might be signiﬁcantly
higher after a more complete treatment of the services
provided by forests in this area.
To be consistent in our analyses, we chose to use a constant
discount rate of 20% in calculations for the opportunity costs
and for each of the individual beneﬁts (ecosystem services)
associated with forest conservation. This rate was adopted
from [29], where it was shown that modeled values of
opportunity costs were consistent with actual property values
at 20%. While 20% is a reasonable ﬁgure for use in a
developing country study site such as Mbaracayu, it is likely to
reﬂect a much higher rate of time preference than those of
developed-country beneﬁciaries of services such as existence
value, carbon storage, and bioprospecting. If this is the case,
we have probably underestimated the economic values of the
latter services by using too high a discount rate. However,
lowering the discount rate for these services would not lead to
qualitative changes in our results. Existence value and
especially carbon storage were the most valuable ecosystem
services, and together, their values exceeded opportunity
costs in all forested areas. Lowering the discount rate for
these services would only emphasize this trend even farther.
In the case of bioprospecting, dollar values were so low that
changes in the discount rate would not signiﬁcantly change
cost-beneﬁt results. Nevertheless, specifying the appropriate
Figure 4. Differences between Economic Costs and Benefits of
Conservation across the Mbaracyau Forest Biosphere Reserve
Green represents areas where economic benefits exceed costs (both as
net present values in US$ per hectare), based on bushmeat þ timber þ
bioprospecting values. Gray/black areas are where costs exceed benefits.
Darker shading indicates greater deviation from zero in either direction.
Three potential corridors connecting the core protected area and the
large indigenous reserve to the west are outlined in blue.
DOI: 10.1371/journal.pbio.0040360.g004
Table 3. Comparison of the Area, Costs, and Benefits of Three Hypothetical Corridors Connecting the Core Protected Area of the
Mbaracayu Forest Biosphere Reserve with the Large Indigenous Reserve to the West
Corridor Area
(ha)
Forest Area
(ha)
Costs
(US$)
Benefits:
All (US$)
All Benefits  Costs
(US$)
Benefits:
Local (US$)
Local Benefits  Costs
(US$)
1 1,398 1,182 115,175 1,784,010 1,668,835 25,220 89,955
2 1,320 874 84,531 1,594,440 1,509,909 22,486 62,045
3 1,627 1,139 37,153 1,484,940 1,447,787 28,153 9,000
Cost and benefit figures are net present values.
DOI: 10.1371/journal.pbio.0040360.t003
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discount rate in cost-beneﬁt analyses is a key challenge and
should be carefully considered when making cost-beneﬁt
calculations [73].
For each of the services we investigated, we were forced to
make simplifying assumptions due to lack of data on
biophysical distribution, economic valuation, or both. For
bushmeat, we had detailed information on game species
distributions, but information on hunting patterns through-
out the region was lacking, and we assumed a sustainable
offtake level, which may not be warranted [31]. For carbon
storage, we ignored belowground biomass and assigned no
storage value to agricultural systems, even though some
carbon is stored in these areas of reduced vegetational
complexity [74]. For timber harvest, we assumed certain
forest types to be completely void of merchantable tree
species, whereas for bioprospecting and existence values, we
assumed that forest values were well represented by very
coarse regional estimates. For some services the beneﬁciary
population and its spatial distribution was highly uncertain,
and in each case we had very few (if any) valuation studies
from which to draw on in terms of assigning prices to
services. This highlights a serious gap in our knowledge of
environmental valuation and suggests that much original
research will need to be done to value ecosystem goods and
services in novel contexts.
Sensitivities of cost-beneﬁt results to changes in key
parameters in the valuation of each ecosystem service
appeared low (Table 4). This was because independent 20%
reductions in any one ecosystem service parameter were not
great enough to change the aggregate ecosystem service value
that is derived primarily from the sum of the other,
nonchanging services. This was especially true when we
considered all ﬁve ecosystem services, instead of only those
accruing locally. Although we did not conduct a comprehen-
sive sensitivity analysis across all valuation parameters
simultaneously, our results are likely to be robust within
estimation errors of 20% of parameter values.
Our analysis emphasizes several issues that may arise when
evaluating the economic value of ecosystem services in a
spatially explicit manner. First, identifying the beneﬁciaries
for each ecosystem service is difﬁcult because of the wide
range of spatial scales at which they may be distributed. For
example, some ecosystem services only beneﬁt nearby users
(e.g., pollination; [75]) or those who are directly downstream
(e.g., water provision; [76]), whereas others beneﬁt a much
larger group of people at regional or even international
scales (e.g., carbon storage; [77]). Second, the same service
may provide different values to different groups of people
[65]. Values can vary due to spatial proximity [78], socio-
economic status [79], or cultural factors [80]; this variation
may limit the possibility of beneﬁts transfer and therefore
ﬁeld studies to understand site-speciﬁc ecosystem service
values are critical. Finally, our spatial models were stronger
on the biophysical side than on the economics side: we were
unable to incorporate models of human behavior that could
drive changes in prices, and therefore value, through time or
space. This made it difﬁcult to calculate marginal values,
because we were unable to trace out spatial supply and
demand curves, and so we were left with averages based on
total values, which may be misleading when applied to land-
use decisions on the margin [27]. More research in this aspect
of ecosystem service valuation is sorely needed.
Although mapping and valuing ecosystem services can help
to inform planning efforts, it is not sufﬁcient to motivate
conservation. For most ecosystem services, ﬁnancial mecha-
nisms and institutions (e.g., markets, subsidies) do not exist to
capture values and compensate landowners for bearing the
costs of providing them [21]. An increasing number of
examples demonstrate the potential of such mechanisms,
including payments for services from forests in Costa Rica
[81], water puriﬁcation in New York [82], and water table
maintenance in Australia [83]. For all but these and a few
other exceptions, however, payment schemes for services
outside traditional markets are typically absent. Without such
mechanisms, many economic values associated with natural
habitats will remain outside the calculus of agents who
actually make land-use decisions.
The preceding is especially true in the case of carbon
storage values and illustrates the gap that needs to be
overcome to provide real economic incentives to people
living in or near threatened forests such as those at
Mbaracayu. If avoided deforestation were to be included in
the CDM of the Kyoto Protocol [56] and if the forests in this
area qualiﬁed for a carbon intervention project, the
economic value of standing forests would greatly exceed the
value associated with clearing and farming them. This result
would also be true (at least for most of these forests) if a
mechanism were in place to capture the high existence values
that residents of developed countries place on forests of the
developing world. In each case, it is clear that although local
economic values of forests cannot compete with the proﬁts to
be made by clearing them, international transfer mechanisms
Table 4. Sensitivity of Cost-Benefit Results to Changes in Key Parameters of Ecosystem Service Value Calculations
Ecosystem
Service
Variable Change Percent Change in Cells that
Pass Cost-Benefit Test (Local)
Percent Change in Cells that
Pass Cost-Benefit Test (All)
Bushmeat US$/kg 20% 5.0 0.3
Sustainable timber US$/tree 20% 4.6 0.3
Bioprospecting US$/ha 20% 4.5 0.002
Existence value US$/ha 20% — 0.3
Carbon US$/tonne C 20% — 0.4
Carbon US$/tonne C 40% — 0.8
Carbon US$/tonne C 60% — 2.8
Carbon US$/tonne C 80% — 16.8
DOI: 10.1371/journal.pbio.0040360.t004
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that translate developed country values into dollars for
developing world economic actors could have an enormous
impact on conservation. As seen by difﬁculties in ratifying the
Kyoto Protocol, the challenges in creating and implementing
such institutions are formidable. Yet doing so would
ultimately be of tremendous beneﬁt to conservation.
Despite the issues and difﬁculties we have discussed,
spatially-explicit information on economic beneﬁts and costs
of conservation appears highly useful to conservationists and
policy makers. Ecosystem services often hold signiﬁcant
economic value, but they remain undervalued within policy
decisions because they are poorly understood and typically
external to markets. As a result, cost-beneﬁt analyses are
biased toward development over conservation, and planning
efforts miss potential ‘‘win-win’’ areas and associated oppor-
tunities to ﬁnance conservation in innovative ways. Maps
such as those we have developed here can demonstrate the
economic value of conserved lands, locate these win-win
areas, and motivate payments for environmental services
from consumers to suppliers.
The economic considerations we describe here in no way
compete with or override moral and aesthetic arguments for
conservation. Maintaining the diversity of life on Earth is
essential in its own right, and conservation efforts must ﬁrst
and foremost target biodiversity, not a favorable beneﬁt:cost
ratio. Deepening our understanding of the economic aspects
of conservation, however, will allow decision makers to realize
the synergies between biodiversity conservation and econom-
ic development when the two are indeed aligned and to
clearly understand the trade-offs when they are not.
Acknowledgments
Kim Hill graciously provided bushmeat data for the Mbaracayu
Reserve. F. Ramirez, S. Fernandez, J. Viera, and T. Hostettler collected
ﬁeld data on tree height and DBH, and the Fundacion Moises Bertoni
provided logistic support for ﬁeld work in Paraguay. We thank
members of the National Center for Ecological Analysis and Synthesis
working group on ecosystem services for constructive comments,
especially P. Armsworth, K. Chan, S. Polasky, and J. Sanchirico.
Suggestions from V. Adamowicz, J. Aldy, M. Case, H. Verolme, M.
Weber, H. Passingam, and three anonymous reviewers also improved
the manuscript.
Author contributions. RN collected data, analyzed the data, and
wrote the manuscript. THR analyzed the data and wrote the
manuscript.
Funding. RN was supported by a post-doctoral fellowship from the
Social Sciences and Humanities Research Council of Canada and a
WWF Science Fellowship.
Competing interests. The authors have declared that no competing
interests exist.
References
1. Margules CR, Pressey RL (2000) Systematic conservation planning. Nature
405: 243–253.
2. Meir E, Andelman S, Possingham HP (2004) Does conservation planning
matter in a dynamic and uncertain world. Ecol Lett 7: 615–622.
3. Cabeza M, Moilanen A (2003) Site-selection algorithms and habitat loss.
Conserv Biol 17: 1402–1413.
4. Possingham HP, Wilson KA (2005) Turning up the heat on hotspots. Nature
436: 919–920.
5. Daily GC (1997) Nature’s services: Societal dependence on natural
ecosystems. Washington (DC): Island Press. 392 p.
6. Arrow KJ, Cropper ML, Eads GC, Hahn RW, Lave LB, et al. (1996) Is there a
role for beneﬁt-cost analysis in environmental, health, and safety
regulation? Science 272: 221–222.
7. Naidoo R, Adamowicz WL (2005) Economic beneﬁts of biodiversity
conservation exceed costs of conservation at an African rainforest reserve.
Proc Natl Acad Sci U S A 102: 16712–16716.
8. Gutman P (2002) Putting a price tag on conservation: cost beneﬁt analysis
of Venezuela’s national parks. J Lat Am Stud 34: 43–70.
9. Polasky S, Camm JD, Garber-Yonts B (2001) Selecting biological reserves
cost-effectively: An application to terrestrial vertebrate conservation in
Oregon. Land Econ 77: 68–78.
10. Ando A, Camm J, Polasky S, Solow A (1998) Species distributions, land
values, and efﬁcient conservation. Science 279: 2126–2128.
11. Ferraro PJ (2003) Assigning priority to environmental policy interventions
in a heterogeneous world. J Pol Anal Manage 22: 27–43.
12. Stewart R, Possingham H (2005) Efﬁciency, costs and trade-offs in marine
reserve system design. Environ Model Assess 10: 203–213.
13. Balmford A, Gaston KJ, Blyth S, James A, Kapos V (2003) Global variation in
terrestrial conservation costs, conservation beneﬁts, and unmet conserva-
tion needs. Proc Natl Acad Sci U S A 100: 1046–1050.
14. Moore J, Balmford A, Allnutt T, Burgess N (2004) Integrating costs into
conservation planning across Africa. Biol Conserv 117: 343–350.
15. Millenium Ecosystem Assessment (2005) Ecosystems and human well-being:
synthesis. Washington (DC): Island Press. 160 p.
16. Smith VK (2000) JEEM and non-market valuation. J Environ Econ Manage
39: 351–374.
17. TurnerRK,Paavola J,CooperP, FarberS, JessamyV, et al. (2003)Valuingnature:
Lessons learned and future research directions. Ecolog Econ 46: 493–510.
18. Louviere JJ, Hensher DA, Swait JD (2000) Stated choice methods: analysis
and application. Cambridge: Cambridge University Press. 402 p.
19. Bateman IJ, Lovett AA, Brainard JS (2003) Applied environmental
economics: A GIS approach to cost-beneﬁt analysis. Cambridge: Cambridge
University Press. 335 p.
20. Ferraro PJ, Kiss A (2002) Direct payments to conserve biodiversity. Science
298: 1718–1719.
21. Pagiola S, Bishop J, Landell-Mills N (2002) Selling forest environmental
services: market-based mechanisms for conservation and development.
London: Earthscan Publications Ltd. 299 p.
22. Chomitz KM, Alger K, Thomas TS, Orlando H, Vila Nova P (2005)
Opportunity costs of conservation in a biodiversity hotspot: the case of
southern Bahia. Environ Devel Econ 10: 293–312.
23. Naidoo R, Hill K (2006) Emergence of indigenous vegetation classiﬁcation
through integration of traditional ecological knowledge and remote
sensing analyses. Environ Manag 38: 377–387
24. Balvanera P, Daily GC, Ehrlich PR, Ricketts TH, Bailey SA, et al. (2001)
Conserving biodiversity and ecosystem services. Science 291: 2047–2047.
25. Turner W, Spector S, Gardiner N, Fladeland M, Sterling E, et al. (2003)
Remote sensing for biodiversity science and conservation. Trends Ecol Evol
18: 306–314.
26. National Academy of Sciences (2004) Valuing ecosystem services: towards
better environmental decision-making. Washington (DC): National Aca-
demies Press. 278 p.
27. Goulder LH, Kennedy D (1997) Valuing ecosystem services: philosophical
bases and empirical methods. In: Daily GC, editor. Nature’s services: Societal
dependence on natural ecosystems. Washington (DC): Island Press. 392 p.
28. Heal G (2000) Nature and the marketplace. Washington (DC): Island Press.
203 p.
29. Naidoo R, Adamowicz WL (2006) Modeling opportunity costs of con-
servation in transitional landscapes. Conserv Biol 20: 490–500.
30. Hill K, Hurtado AM (1996) Ache life history: The ecology and demography
of a foraging people. New York: Aldine de Gruyter. 561 p.
31. Hill K, McMillan G, Farina R (2003) Hunting-related changes in game
encounter rates from 1994 to 2001 in the Mbaracayu Reserve, Paraguay.
Conserv Biol 17: 1312–1323.
32. Smith VK, Houtven GV, Pattanayak SK (2002) Beneﬁt transfer via
preference calibration: ‘‘prudential algebra’’ for policy. Land Econ 78:
132–152.
33. Brouwer R (2000) Environmental value transfer: State of the art and future
prospects. Ecolog Econ 32: 137–152.
34. Banzhaf S, Boyd J (2005) The architecture and measurement of an
ecosystem services index. Washington (DC): Resources for the Future. 54 p.
35. Hill K, Padwe J, Bejyvagi C, Bepurangi A, Jakugi F, et al. (1997) Impact of
hunting on large vertebrates in the Mbaracayu Reserve, Paraguay. Conserv
Biol 11: 1339–1353.
36. Damania R, Milner-Gulland E, Crookes D (2005) A bioeconomic analysis of
bushmeat hunting. Proc R Soc Lond B Biol Sci 272: 259–266.
37. Jazmin G (1995) Ensayo sobre la cuenca alta del rio jejui, departamento de
Canindeyu, Paraguay. Asuncion (Paraguay): Universidad National de
Asuncion. 32 p.
38. Jackson SM, Fredericksen TS, Malcolm JR (2002) Area disturbed and
residual stand damage following logging in a Bolivian tropical forest. For
Ecol Manag 166: 271–283.
39. Plotkin MJ (1994) Tales of a shaman’s apprentice. New York: Penguin
Books. 336 p.
40. Simpson RD, Sedjo RA, Reid JW (1996) Valuing biodiversity for use in
pharmaceutical research. J Polit Economy 104: 163–185.
41. Goeschl T, Swanson T (2002) The social value of biodiversity for R&D.
Environ Resource Econ 22: 477–504.
PLoS Biology | www.plosbiology.org November 2006 | Volume 4 | Issue 11 | e3600011
Mapping Conservation Costs and Benefits
42. Craft AB, Simpson RD (2001) The value of biodiversity in pharmaceutical
research with differentiated products. Environ Resource Econ 18: 1–17.
43. Rausser GC, Small AA (2000) Valuing research leads: bioprospecting and
the conservation of genetic resource. J Polit Economy 108: 173–206.
44. Keel S, Gentry AH, Spinzi L (1993) Using vegetation analysis to facilitate the
selection of conservation sites in eastern Paraguay. Conserv Biol 7: 66–75.
45. Horton B, Colarullo G, Bateman IJ, Peres CA (2003) Evaluating non-user
willingness to pay for a large-scale conservation programme in Amazonia:
A UK/Italian contingent valuation study. Environ Conserv 30: 139–146.
46. Kramer RA, Mercer DE (1997) Valuing a global environmental good: U.S.
residents’ willingness to pay to protect tropical rain forests. Land Econ 73:
196–210.
47. Rolfe J, Bennett J, Louviere J (2000) Choice modelling and its potential
application to tropical rainforest preservation. Ecolog Econ 35: 289–302.
48. Pearce DW (2001) The economic value of forest ecosystems. Ecosyst Health
7: 284–296.
49. Brown S, Gillespie AJR, Lugo AE (1989) Biomass estimation methods for
tropical forestswith applications to forest inventory data. For Sci 35: 881–902.
50. Houghton RA (2005) Aboveground forest biomass and the global carbon
balance. Glob Change Biol 11: 945–958.
51. Smith J, Mulongoy K, Persson R, Sayer J (2000) Harnessing carbon markets
for tropical forest conservation: Towards a more realistic assessment.
Environ Conserv 27: 300–311.
52. Smith J, Applegate G (2004) Could payments for forest carbon contribute
to improved tropical forest management? For Pol Econ 6: 153–167.
53. Ramirez OA, Carpio CE, Ortiz R, Finnegan B (2002) Economic value of the
carbon sink services of tropical secondary forests and its management
implications. Environ Resource Econ 21: 23–46.
54. Mayorga E, Aufdenkampe AK, Masiello CA, Krusche AV, Hedges JI, et al.
(2005) Young organic matter as a source of carbon dioxide outgassing from
Amazonian rivers. Nature 136: 538–451.
55. Fung IY, Doney SC, Lindsay K, John J (2005) Evolution of carbon sinks in a
changing climate. Proc Natl Acad Sci U S A 102: 11201–11206.
56. Santilli Mr, Moutinho P, Schwartzman S, Nepstad D, Curran L, et al. (2005)
Tropical deforestation and the Kyoto Protocol. Clim Change 71: 267–276.
57. Greiner S, Michaelowa A (2003) Deﬁning investment additionality for CDM
projects–practical approaches. Energy Pol 31: 1007–1015.
58. Michaelowa A, Stronzik M, Eckermann F, Hunt A (2003) Transaction costs
of the Kyoto mechanisms. Climate Policy 3: 261–278.
59. Olschewski R, Benitez PC (2005) Secondary forests as temporary carbon
sinks? The economic impact of accounting methods on reforestation
projects in the tropics. Ecolog Econ 55: 380–394.
60. Marechal K, Hecq W (2006) Temporary credits: A solution to the potential
non-permanence of carbon sequestration in forests? Ecolog Econ 58: 699–716.
61. Sanchirico JN, Wilen JE (1999) Bioeconomics of spatial exploitation in a
patchy environment. J Environ Econ Manage 37: 129–150.
62. Di Bitetti MS, Placci G, Dietz LA (2003) A biodiversity vision for the Upper
Parana Atlantic Forest ecoregion: Designing a biodiversity conservation
landscape and setting priorities for conservation action. Washington (DC):
World Wildlife Fund. 104 p.
63. Godoy R, Wilkie D, Overman H, Cubas A, Cubas G, et al. (2000) Valuation
of consumption and sale of forest goods from a Central American rain
forest. Nature 406: 62–63.
64. Chomitz KM, Kumari K (1998) The domestic beneﬁts of tropical forests: A
critical review. World Bank Res Observer 13: 13–35.
65. Kremen C, Niles JO, Dalton MG, Daily GC, Ehrlich PR, et al. (2000)
Economic incentives for rain forest conservation across scales. Science 288:
1828–1832.
66. Bulte E, van Soest DP, van Kooten GC, Schipper RA (2002) Forest
conservation in Costa Rica when nonuse beneﬁts are uncertain but rising.
Am J Agric Econ 84: 150–160.
67. Balmford A, Moore JL, Brooks T, Burgess N, Hansen LA, et al. (2001)
Conservation conﬂicts across Africa. Science 291: 2616–2619.
68. Sanderson EW, Jaiteh M, Levy MA, Redford KH, Wannebo AV, et al. (2002)
The human footprint and the last of the wild. Bioscience 52: 891–904.
69. Pattanayak SK (2004) Valuing watershed services: Concepts and empirics
from southeast Asia. Agr Ecosyst Environ 104: 171–184.
70. Shrestha RK, Loomis JB (2003) Meta-analytic beneﬁt transfer of outdoor
recreation economic values: Testing out-of-sample convergent validity.
Environ Resource Econ 25: 79.
71. Hanemann WM (1989) Information and the concept of option value. J
Environ Econ Manage 16: 23–37.
72. Graham-Tomasi T (1995) Quasi-option value. In: Bromley DW, editor. The
handbook of environmental economics. Oxford: Blackwell Publishers Ltd.
pp. 594–614.
73. Goulder LH, Stavins RN (2002) An eye on the future. Nature 419: 673–674.
74. Niles JO, Brown S, Pretty J, Ball AS, Fay JP (2002) Potential carbon
mitigation and income in developing countries from changes in use and
management of agricultural and forest lands. Philos Trans R Soc Lond A
Phys Sci 360: 1621–1639.
75. Ricketts TH, Daily GC, Ehrlich PR, Michener CD (2004) Economic value of
tropical forest to coffee production. Proc Natl Acad Sci U S A 101: 12579–
12582.
76. Guo Z, Xiao X, Li D (2000) An assessment of ecosystem services: Water ﬂow
regulation and hydroelectric power production. Ecol Appl 10: 925–936.
77. Subak S (2000) Forest protection and reforestation in Costa Rica:
Evaluation of a Clean Development Mechanism prototype. Environ Manag
26: 283–297.
78. Hanley N, Schlapfer F, Spurgeon J (2003) Aggregating the beneﬁts of
environmental improvements: Distance-decay functions for use and non-
use values. J Environ Manag 68: 397–304.
79. Boxall PC, Adamowicz WL (2002) Understanding heterogeneous prefer-
ences in random utility models: A latent class approach. Environ Resource
Econ 23: 421–446.
80. Vatn A, Bromley DW (1995) Choices without prices without apologies. In:
Bromley DW, editor. The handbook of environmental economics Oxford:
Blackwell Publishers, Ltd. 705 p.
81. Zbinden S, Lee DR (2005) Paying for environmental services: an analysis of
participation in Costa Rica’s PSA program. World Devel 33: 255–272.
82. Chichilnisky G, Heal G (1998) Economic returns from the biosphere.
Nature 391: 629–630.
83. Daily G, Ellison K (2002) The new economy of nature. Washington (DC):
Island Press. 260 p.
84. Myers P, Espinosa R, Parr CS, Jones T, Hammond GS, Dewey TA (2005) The
animal diversity web. Availalble: http://animaldiversity.org. Accessed 12
September 2005
85. Beck-King H, von Helversen O, Beck-King R (1999) Home range,
population density, and food resources of Agouti paca (Rodentia:
Agoutidae) in Costa Rica: A study using alternative methods. Biotropica
31: 675–685.
86. Robinson JG, Redford KH (1991) Sustainable harvest of neotropical forest
animals. In: Robinson JG, Redford KH, editors. Neotropical wildlife use and
conservation. Chicago: University of Chicago Press. 538 p.
87. Gompper ME (1997) Population ecology of the white-nosed coati (Nasua
narica) on Barro Colorado Island. Panama J Zool 241: 441–455.
88. Valenzuela D, Ceballos G (2000) Habitat selection, home range, and activity
of the white-nosed coati (Nasua narica) in a Mexican tropical dry forest. J
Mammal 81: 810–819.
89. Robinson JG, Bennett EL (1999) Carrying capacity limits to sustainable
hunting in tropical forests. In: Robinson JG, Bennett EL, editors. Hunting
for sustainability in tropical forests. New York: Columbia University Press.
1000 p.
90. Keuroghlian A, Eaton DP, Longland WS (2004) Area use by white-lipped
and collared peccaries (Tayassu pecari and Tayassu tajacu) in a tropical forest
fragment. Biol Conserv 120: 415–429.
PLoS Biology | www.plosbiology.org November 2006 | Volume 4 | Issue 11 | e3600012
Mapping Conservation Costs and Benefits
